INTRODUCTION
A richer understanding of factors underlying the origin of the diverse tropical flora depends on aggregating global biogeographic, taxonomic and phylogenetic information from multiple plant clades. Although much progress has been made reconstructing the tempo and genealogical patterns of angiosperm evolution in the past two decades, most of the major plant lineages lack the comprehensive global sampling and taxonomic studies necessary to address basic questions regarding the timing of radiations, geographic origins, and dispersal histories. Many angiosperm families are common to tropical forests around the world, yet very little is known about which lineages are ancient and have experienced multiple vicariance events, and which lineages have experienced more recent long-distance dispersal.
Moreover, the timing and directionality of such dispersal events is often unknown, although recent studies have found that many tropical radiations appear to have coincided with climatic and geographic events, such as Oligocene-Miocene cooling and drying in both the Americas and Africa, the connection of North and South America, and the Andean uplift (Bouchenak-Khelladi et al., 2010; Hoorn et al., 2010; De-Nova et al., 2012; Hughes et al., 2013) .
Recent studies have highlighted the importance of phylogenetic niche conservatism in understanding large-scale patterns of plant biogeography and evolution (Wiens and Donoghue, 2004; Donoghue, 2008) . The hypothesis is that because adaptation to new climatic zones requires a complex array of morphological and physiological innovations, as long as dispersal is possible, in situ adaptation by the resident flora during periods of global cooling or drying may often be less common than immigration of other lineages that are pre-adapted to freezing or dry climates. For example, many Northern American temperate plant lineages have colonized the high-elevation South American Andes since overland connections were established between the two continents (Bell and Donoghue, 2005; Hughes and Eastwood, 2006) . However, South American lineages have also colonized these freezing habitats, even from warm tropical lowlands (Donoghue, 2008) , demonstrating that adaptation to new biomes, as well as immigration from other areas, can result in diversification within regions (Donoghue, 2008; Donoghue and Edwards, 2014) .
The angiosperm lineages Anacardiaceae and Burseraceae (Sapindales) represent an excellent study system for investigating the biogeographic history of tropical diversification and the relative importance of movement and climatic adaptation in angiosperm evolution. Once recognized as the single taxon "Terebinthaceae" (Marchand, 1869) and subsequently shown to be sister taxa (Fernando et al., 1995; Gadek et al., 1996; Bremer et al., 1999; Savolainen et al., 2000a,b; Pell, 2004) , these families collectively comprise ca. 1500 lianas, shrubs and trees distributed on every continent except Antarctica and are major elements of the structure and diversity of temperate, seasonally dry tropical forest and tropical wet forest floras (Gentry, 1988; Pennington et al., 2010) (Figure 1) . Anacardiaceae species display a remarkable range of fruit morphologies and seed dispersal syndromes not present in Burseraceae (see Daly et al., 2011; Pell et al., 2011 ). This disparity is primarily responsible for the recognition of more genera in Anacardiaceae (82) as compared to Burseraceae (19) , although each family has approximately the same number of species. However, the geographic range as well as the morphological and ecological diversity of Anacardiaceae considerably eclipses that of Burseraceae, which makes the Terebinthaceae lineage a valuable comparative model system for testing the relative contributions to diversification of climate adaptation and intercontinental movement.
The differences between the families raise the question of how sister lineages having identical ages and nearly equivalent numbers of species could have taken such different evolutionary trajectories whilst becoming so widespread. Anacardiaceae comprise a cosmopolitan group, are found at a greater range of latitudes and elevations, and a broader range of habitats than Burseraceae. All Burseraceae, by contrast, are intolerant of frost and are thus limited to lower elevation zones in the African, American, Asian and Pacific (sub-)tropics.
Testing which events may have been correlated with cladogenesis in Terebinthaceae is contingent on reconstructing a densely sampled, time-calibrated phylogeny for the group. Divergence time estimates are a critical component of testing historical biogeographic hypotheses for Terebinthaceae because routes of overland range expansion available to Anacardiaceae and Burseraceae may have been different as global climate fluctuated over geological time. For example, ancestral lineages of frost tolerant Anacardiaceae may have been able to disperse through regions located above the frost line during the Miocene (e.g., Rhus, Yi et al., 2004) whereas the entirely frost-intolerant Burseraceae may have been excluded from them. Historically, angiosperm biogeographers have hypothesized that cosmopolitan and pantropical groups experienced vicariance as a consequence of the break-up of Gondwana (Raven and Axelrod, 1974) . Both Anacardiaceae and Burseraceae had been considered Gondwanan families in the past (Raven and Axelrod, 1974; Gentry, 1982) . More recently, divergence time estimates for a number of angiosperm lineages having predominantly frost-free distributions, including Burseraceae, have indicated that the northern hemisphere land corridors have had a more influential role in establishing species' ranges than previously hypothesized (Chanderbali et al., 2001; Renner et al., 2001; Davis et al., 2004; Richardson et al., 2004; Weeks et al., 2005; Zerega et al., 2005) . In the case of Burseraceae, Weeks et al. (2005) implicated a North American origin of the family followed by Paleocene migration of lineages eastward over the warm North Atlantic land bridge and along the Tethys Seaway to Southeast Asia, as well as early trans-oceanic dispersals to Africa and South America. However, this study did not optimize the ancestral distributions using a geographically diverse group of Anacardiaceae outgroup taxa nor did it incorporate known Anacardiaceae fossils as calibration points.
Contemporary studies have not clarified the relative contribution of vicariance and dispersal in generating the current distribution of both Anacardiaceae and Burseraceae and whether shifts in climatic niches may have promoted their diversification. Here, we address three sets of questions regarding the evolution of Terebinthaceae: 
MATERIALS AND METHODS

TAXON SAMPLING
Ingroup species from Anacardiaceae and Burseraceae were chosen on the basis of assembling the most complete biogeographic coverage possible from all major lineages. Species were selected with reference to preexisting phylogenies (Pell, 2004; Weeks et al., 2005; Fine et al., 2014) as well as to recent taxonomic literature that recognizes the new segregate genus Poupartiopsis (Mitchell et al., 2006) and the newly circumscribed genera Searsia and Protorhus (Moffett, 2007; Pell et al., 2008 ; Table 1 ). From Anacardiaceae we obtained 67 of 82 genera (169 species) and sampling was spread across the higher ranks of recently published classifications: (1) the five tribes sensu Mitchell and Mori (1987) as updated by Pell (2004) , including Anacardieae (7/8 genera sampled/genera total), Dobineae (2/2), Rhoeae (39/47), Semecarpeae (3/5), Spondiadeae (16/20); and (2) Pell's and Mitchell's (Mitchell et al., 2006) modifications to Takhtajan's (1987) Daly et al. (2011) : the Beiselia alliance (1/1 genus), the Protium alliance (3/3 genera), the Boswellia alliance (2/2 genera), the Bursera alliance (3/3 genera) and the Canarium alliance (7/10 genera). Burseraceae includes several disjunct genera (Canarium, Commiphora, Dacryodes, Protium) whose species are distributed in African, American, Asian, and Pacific regions, and care was taken to sample representatives from each. Outgroup taxa from Sapindales were chosen with reference to Gadek et al. (1996) and comprise species of Meliaceae (1 sp.; Muellner et al., 2006) , Rutaceae (5 spp.; Groppo et al., 2008) , and Sapindaceae incl. Aceraceae (15 spp.; Harrington et al., 2005) .
MARKER SELECTION AND SEQUENCE ALIGNMENT
Sequence data for assessing the individual phylogenies of Anacardiaceae and Burseraceae have been generated by current authors using multiple phylogenetic markers (Weeks, 2003; Pell, 2004; Fine et al., 2005 Fine et al., , 2014 Weeks et al., 2005; Pell et al., 2008) . The published datasets overlapped for three DNA sequence regions: the nuclear ribosomal external transcribed spacer (ETS), the chloroplast trnL intron and trnL-F intergenic spacer (trnL-F region), and the chloroplast rps16 intron. All of these regions have proven alignable across the targeted taxa and useful for investigating phylogeny at the familial and generic levels. These three datasets were expanded with additional taxa for the current study using amplification and sequencing protocols as outlined in publications referenced above. Multiple sequence alignment for each locus was carried out in MAFFT v7.0 (Katoh and Standley, 2013) with the E-INS-i algorithm. To improve alignment quality, we ran GBlocks V0.91b (Castresana, 2000) with parameters −b3 = 4, −b4 = 10, −b5 = h to clean the alignments as this has been shown to improve subsequent phylogenetic analyses (Talavera and Castresana, 2007) . Before phylogenetic inference, we evaluated whether the final concatenated matrix should be partitioned by marker or by any combination of markers, and which nucleotide substitution model should be employed for the final partition scheme. For this analysis, we used the Bayesian Information Criterion as implemented in PartitionFinder (Lanfear et al., 2012) using the greedy algorithm, and we unlinked branch length estimates for each of the substitution models in each partition. Results of this analysis showed that the matrix should be treated as a single partition evolving under the GTR+I+Gamma model of nucleotide substitution.
SOURCES OF FOSSIL CALIBRATION POINTS
Both families have rich micro-and macro-fossil records with which to calibrate their phylogeny and test hypotheses of historical biogeographical evolution in Terebinthaceae. from Germany (47 Ma; Manchester et al., 2007) . Ages of all Anacardiaceae fossils included herein are associated with sediments that have been dated radiometrically. Three Burseraceae fossils were selected. Two fossils are from the London Clay and are Early Eocene fruit casts of Bursericarpum aldwickense Chandler, which is assignable to extant Protieae on the basis of the number of pyrenes per fruit (Chandler, 1961; Harley and Daly, 1995) , and Protocommiphora europea Reid and Chandler, which is similar to extant Commiphora (Reid and Chandler, 1933; Collinson, 1983) . The age of these fossils is estimated as 48. Burseraceae fossil is a leaf impression ascribed to Bursera subgenus Elaphrium from the Green River Flora of Colorado and Utah (MacGinitie, 1969; Plate 30, Figure 2) , whose base has a radiometrically-determined age of 49.7-50.7 Ma (Clyde et al., 1995) . Dates for all geological periods and epochs follow those of the International Commission on Stratigraphy.
PHYLOGENETIC DATING AND DIVERSIFICATION ANALYSES
The chronogram and divergence times were co-estimated using Markov Chain Monte Carlo (MC2) sampling in BEAST v1.8 (Drummond et al., 2012) . A birth-death speciation process (Gernhard, 2008) was specified as a tree prior with a death rate parameter sampled from a U(0,1) prior distribution, and a growth rate parameter sampled from a U(0,inf) prior distribution. Rate heterogeneity among lineages was modeled using an uncorrelated lognormal relaxed molecular clock (Drummond et al., 2006 ) with a mean sampled from an Exp(10) prior distribution. We used a secondary calibration to set the prior on the age of the root using a N(85,8) prior distribution; this parameterization accounts for the uncertainty surrounding the age of the Sapindales (Muellner et al., 2006; Magallón and Castillo, 2009 ). We used the six Terebinthaceae fossils (see above) to set priors on six nodes: the most recent common ancestor (MRCA) of Cotinus, the MRCA of Loxopterygium, the MRCA of Anacardium, the MRCA of the Protieae, the MRCA of Commiphora, and the MRCA of Bursera subgenus Elaphrium. Because all of these fossils are fragmentary, it is not possible to be certain that any of those fossils possess features that would place them in the crown groups. Therefore, we took a conservative approach and used them as minimum calibrations of the stem groups (Forest, 2009 ). All these nodes were parameterized with Exponential distributions in which the offset matched the minimum bound set by the fossil age, and the mean was set to be 10% older than this value. Because random starting trees did not satisfy the temporal and topological constraints associated with some fossil calibrations, we used ExaML v1.0.12 (Stamatakis and Aberer, 2013) to estimate a maximum likelihood tree, transformed it into a chronogram using penalized likelihood (Sanderson, 2002; Paradis, 2013) , and used it as starting topology in BEAST. The MC2 was run for 6 × 10 7 generations sampling every 4 × 10 3 with the first 20% of the samples discarded as burn-in. Convergence to stationarity of the MC2 sampling was determined with time-series plots of the likelihood scores and cumulative split frequencies, and assessing that estimated effective sample sizes for the chronograms and model parameters were at least 100. Post burn-in chronograms were summarized with a majority clade credibility tree (MCCT) using median branch lengths. We carried out diversification analyses in two ways. First, we used BayesRate (Silvestro et al., 2011) to evaluate whether a single birth-death diversification process for the whole Terebinthaceae, or two birth-death diversification processes, one for Anacardiaceae and one for Burseraceae, better explain the accumulation of lineages through time. For this analysis, we used flat priors, clade-specific taxon sampling proportions (P Anacardiaceae = 0.21, P Burseraceae = 0.19), we unlinked rates between clades, and ran the MC2 for 1 × 10 5 generations, sampling every 1 × 10 2 , and discarding the first 10% as burn-in. For model selection, we used Bayes Factors using the marginal likelihoods calculated using thermodynamic integration. Second, we used BAMM (Rabosky, 2014) to automatically detect shifts in diversification process through time without defining tree partitions a priori. For this analysis, we used 1.0 for the Poisson rate prior, the lambda initial prior, and the extinction rate prior. We included a global taxon sampling proportion P = 0.20. We ran 1 × 10 7 generations of MC2, sampling every 1 × 10 3 , and discarding the first 10% as burn-in, with two independent runs to assess convergence.
GEOGRAPHIC RANGE AND CLIMATIC NICHE EVOLUTION ANALYSES
To study geographic range evolution through time, we employed maximum-likelihood inference of geographic range evolution using the dispersal, extinction, and cladogenesis (DEC) model (Ree et al., 2005; Ree and Smith, 2008) implemented in Lagrange version 0.1β, and estimated split and ancestral states concurrently. We described the geographic distributions of each Anacardiaceae and Burseraceae taxon following the biogeographic divisions of Good (1974) and Olson and Carlquist (2001) with some modifications. We assigned each species to one or more of the following seven areas: NA: North America (including Central America and the Caribbean); SA: South America; EA: Eurasia (including North Africa/Mediterranean/Arabian Peninsula); SSA: sub-Saharan Africa; MAD: Madagascar, SeA: Southeast Asia (including India); and OC: Oceania (including Papua New Guinea/Tropical Australia/New Caledonia, and Tropical Pacific Islands). We ran a single DEC unconstrained model assuming rates of dispersal/expansion and extinction were uniform across the areas in the model and across the phylogeny. We estimated D, the dispersal/expansion rate across the phylogeny (Ree and Smith, 2008) for each family, by running two more DEC analyses, one for each family.
To study climatic niche evolution through time, we carried out a second DEC analysis. Although DEC was initially designed for modeling geographic range evolution, it provides a sound framework for modeling the evolution of other type of characters (Ree and Smith, 2008) , in particular climatic niche. We found two significant benefits of DEC over alternative approaches for modeling the evolution of climatic niche. First, broad climatic niches encompassing two or more unique climatic niches are valid states for single species; many species in nature display broad climatic tolerances. Second, we reasoned that, analogous to geographic range, for an ancestor with a broad climatic niche, climatic adaptation and lineage divergence can result in daughter species inheriting mutually exclusive climatic niches, or one daughter species inheriting one climatic niche, while the other (the remainder of the ancestral lineage) inheriting the ancestral climatic niche (for details and further discussion, see Ree et al., 2005; Ree and Smith, 2008) . For this analysis we assigned each species to one or more of the following climatic categories: Temperate (frost-tolerant), Tropical Seasonal Dry Forest/Savannah/Scrubland, and Tropical Moist/Wet Forest. Taxa were assigned to these regions on the basis of the authors' knowledge of the taxa and published sources (Daly et al., 2011; Pell et al., 2011) . We ran a single DEC unconstrained model assuming rates of dispersal/expansion and extinction were uniform across the climatic niches in the model and across the phylogeny. We estimated D, the dispersal/expansion rate across the phylogeny (Ree and Smith, 2008) , for each family by running two more DEC analyses, one for each family.
RESULTS
Genbank accession information for all taxa is listed in Table 1 . Alignments, analyses and trees generated by the study are posted to Treebase, study number 16073 (www.treebase.org).
PHYLOGENETIC RELATIONSHIPS
Results support the monophyly of Anacardiaceae and Burseraceae individually and their relationship as sister clades (Figure 2) . Within Anacardiaceae, phylogenetic results pose challenges to all published subfamilial classifications of the family (Figure 3) . The most widely used classification of the family includes five tribes, Anacardieae, Dobineae, Rhoeae, Semecarpeae, Spondiadeae, (Engler, 1881 (Engler, , 1883 (Engler, , 1892 ; modified by Mitchell and Mori, 1987; and again by Pell, 2004) , only two of which are monophyletic as circumscribed, Dobineae (Campylopetalum and Dobinea) and Semecarpeae (represented here by Drimycarpus, Melanochyla and Semecarpus, but also including Holigarna and Nothopegia). Pell and Mitchell (Mitchell et al., 2006) proposed the most recent classification, which includes two subfamilies, Anacardioideae and Spondioideae, both of which are shown here to be polyphyletic. Our results do provide some clarity for the position of three genera that have been difficult to place within the evolutionary context of the family: Buchanania, Campnosperma, and Pentaspadon. Although it is most often treated as a member of tribe/subfamily Anacardieae/Anacardioideae, Buchanania is here resolved sister to a clade of taxa traditionally recognized within tribe/subfamily Spondiadeae/Spondioideae. Campnosperma and Pentaspadon remain challenging but are resolved as sister lineages to much larger clades: Pentaspadon is sister to the rest of Anacardiaceae and Campnosperma is sister to a clade that includes all of subfamily Anacardioideae included in our sampling (excluding Pentaspadon from the Mitchell et al. (2006) Thulin et al., 2008) , the Bursera alliance or Bursereae (sensu Thulin et al., 2008) and the Boswellia + Canarium alliance hereafter referred to as Garugeae (sensu Thulin et al., 2008) (Figure 4) . Within Protieae, a clade of Southeast Asian and Madagascan species is sister to the speciesrich American clade containing the remaining Protium species and the genera Tetragastris and Crepidospermum (see also Fine et al., 2014) . Within Bursereae, the monotypic West African Aucoumea klaineana is sister to a well-supported clade containing American Bursera and predominantly African Commiphora. Our study finds marginal support for a paraphyletic Bursera with the lineage corresponding to Bursera subg. Bursera sister to Commiphora and Bursera subg. Elaphrium. More robustly sampled phylogenies of Anacardiaceae and Burseraceae (Pell et al. in prep.; Weeks et al. in prep.) will expand on the brief taxonomic results presented in this publication.
TIMING OF DIVERSIFICATION AND DIVERSIFICATION PATTERNS
Early diversification events in Terebinthaceae including stem and crown divergences of both families occurred in the Early to Late Cretaceous (Figure 2, Supplementary Material Figures S1A,B) . The divergence of Terebinthaceae from the other Sapindales lineages and its split into Anacardiaceae and Burseraceae spanned the Albian-Aptian of the Early Cretaceous (116 Ma, 105-127 Ma; mean age, 95% HPD and 108 Ma, 95-121 Ma, respectively). The crown radiations of Anacardiaceae (97 Ma, and Burseraceae (91 Ma, 78-106 Ma) were centered on the Cenomanian of the Late Cretaceous. Lineage through time (LTT) plots show that even though the radiation of Anacardiaceae is slightly older than that of Burseraceae, accumulation of lineages through time has been roughly equivalent in both families (Figure 5) . Nevertheless, there is evidence that two, rather than one diversification process has governed the evolution of these families. The highest marginal likelihood was assigned to the model with different Birth-Death diversification processes for each family (LM = −1188.75). A Bayes Factor analysis shows very strong evidence in favor of this model against a model with a single Birth-Death diversification process for the whole tree (BF = 12). However, the mean net diversification rate for both families is approximately the same (2.4 vs. 2.5). BAMM analysis found strong support for a model with one rate shift, with a posterior probability p = 0.74. Bayes Factors show strong evidence in favor of this model vs. a null model with no shifts (BF = 574.73). These results suggest a substantial increase in speciation rate in the ancestral lineage leading to the Protieae within Burseraceae (Supplementary Material Figure S2 ). The posterior probability of a rate shift occurring in the three deepest branches of the Protieae is p = 0.91. Bayes Factors indicate overwhelming evidence in favor of a rate shift in the branch leading to the Neotropical Protieae (BF = 2004.07).
GEOGRAPHIC RANGE AND CLIMATIC NICHE EVOLUTION
Lagrange analyses show there is uncertainty in the geographic ranges and climatic niches for several ancestors (Supplementary Material Figure S3 , Tables S1, S2). We define uncertainty as when multiple ancestral states are within two log-likelihood scores. With this in mind, we restrict our description of results and discussion only to the most likely reconstructions (i.e., the one with the highest relative probability).
Lagrange analysis indicates that the most recent common ancestor of Terebinthaceae had a widespread geographic range and it occurred in wet and dry tropical climatic niches (Figures 6, 7) . Speciation within this broad geographic range led to a lineage restricted to tropical wet climates in Southeast Asia (for the most recent common ancestor of Anacardiaceae), and to a lineage inheriting the widespread ancestral geographic range and ancestral climatic niche (for the most recent common ancestor of Burseraceae). Within Anacardiaceae, subsequent speciation events during the Cretaceous occurred within Southeast Asia with a geographic range expansion into the tropical wet forests of sub-Saharan Africa around the Cretaceous-Paleocene boundary. During the Paleocene, geographic range expansion into subSaharan Africa led to allopatric divergence, with a daughter species inheriting the Southeast Asian geographic range and its sister species inheriting the sub-Saharan African range and further expanding into South America. The Southeast Asian ancestor later diverged into descendant species that expanded their geographic ranges to sub-Saharan Africa and colonizing South America. Although these geographic range expansions did not involve changes in the ancestral Tropical Wet climatic niche, the most recent common ancestor of Buchanania and Operculicarya expanded into tropical dry climates in Southeast Asia. During the Eocene, Anacardiaceae dispersed into North America, Oceania, and Madagascar, with some ancestors from tropical wet climatic niches expanding into tropical dry as well as temperate climatic niches. From the Miocene forward, there were multiple ancestral geographic range and climatic niche expansions, including the colonization of Eurasia and diversification in temperate climates. Overall, the predominant pattern in the geographic range and climatic niche evolution of Anacardiaceae is that ancestors with widespread geographic ranges and broad climatic tolerances were common and persisted through multiple speciation events, suggesting that dispersal and evolution of climatic tolerances are common in this family. The overall rate of dispersal/expansion for geographic range evolution was D = 0.15, and it was D = 0.14 for climatic niche evolution. Transitions between climatic niches were extremely common and included 74 instances of expansions or specializations to new niches (Figure 6 ). Unlike Anacardiaceae, Burseraceae did not experience as many geographic range expansions and clearly fewer climatic niche expansions (Figure 7) . In general, several ancestors with widespread geographic ranges spanned multiple speciation events. However, multiple ancestors diversified within distinct geographic regions. The overall rate of dispersal/expansion for geographic range evolution was D = 0.22. In contrast, few ancestors occurred across wet and dry tropical climates, and these quickly specialized to either tropical wet or tropical dry climates. The overall rate of dispersal/expansion for climatic niche evolution was D = 0.05. In total, there were only 11 cladogenic events that coincided with the transition from broad tropical climates to tropical dry or tropical wet climates. The only exception to this pattern is the Garugeae clade in which widespread geographic ranges among ancestors were maintained across multiple cladogenic events. Nevertheless, this clade remained highly specialized to tropical wet climates.
DISCUSSION ORIGINS OF TEREBINTHACEAE AND PATTERNS OF DIVERSIFICATION IN ANACARDIACEAE AND BURSERACEAE
The Cretaceous age of the stem and crown lineages of Terebinthaceae (95-127 Ma) coincides with several episodes of continental vicariance that may have contributed to their early widespread distribution and spurred their diversification through allopatric speciation. Biogeographic reconstructions place the common ancestor of extant Anacardiaceae in Southeast Asia and extant Burseraceae in virtually all pantropical locations soon after their divergence. This reconstruction, combined with the Northern Hemisphere distribution of pre-Eocene Terebinthaceae fossils and the earliest diverging extant taxa, points most strongly to an origin of Terebinthaceae in Laurasia rather than Gondwana. In Burseraceae, the oldest fossils attributable to the clade derive from the Paleocene and Eocene of North America and Britain (Daly et al., 2011) . Definitively Anacardiaceae fossils appear in the Eocene floras of North America and Europe (e.g., Taylor, 1990; Manchester, 1994; Ramírez and Cevallos-Ferriz, 2002; Meyer, 2003) . An intriguing possibility is that the northward incursion of the Atlantic Ocean between North America and Eurasia/proto Southeast Asia during the Upper Cretaceous (Seton et al., 2012) contributed to these early diversification events by interrupting gene flow among the increasingly isolated regions of Laurasia.
After the divergence of the families, the Upper Cretaceous brought crown radiations and the establishment of at least four lineages in Burseraceae and six in Anacardiaceae (Figures 2-4 and Supplementary Material). Timing of the older diversification events within Burseraceae is broadly comparable to that found by previous studies of the family. Similar studies in Anacardiaceae are lacking, with the biogeography of only some of the more recently diversified clades having been evaluated. Our study places the crown radiation of Burseraceae firmly in the Upper Cretaceous, notably older than the Paleocene age estimated by Weeks et al. (2005) and Fine et al. (2014) . This discrepancy may be caused by the inclusion of the species sister to all other members of the family, Beiselia mexicana, a monotypic genus distributed in western Mexico. It has highly divergent DNA sequences and may inflate older ages as a consequence of its effect on the DNA alignment across Sapindalean taxa.
During the Cretaceous, Anacardiaceae accumulated more lineages than Burseraceae, either through increased speciation or decreased extinction (Figures 2-5) . Diversifications of Burseraceae also span the K-T boundary. The stem and crown ages of Burseraceae's Protieae, Bursereae and Garugeae clades closely match the Paleocene ages estimated by studies that sample fewer Sapindalean outgroups (Weeks et al., 2005; De-Nova et al., 2012; Fine et al., 2014) . Phylogenetic relationships resolved within these large clades reveal the ancient but relatively rapid establishment of pantropical distributions. Our analyses of diversification through time indicate that the evolutionary history of Terebinthaceae has been shaped by a mixture of heterogeneous processes. We found strong evidence for an explosive burst in speciation associated with the origin of the Neotropical Protieae. Fine et al. (2014) also found support for a rate shift for this clade using a different modeling approach. Taken together, this suggests that the acceleration in rates during this time interval likely reflects the occurrence of a key innovation or the colonization of a new geographic region and open ecological opportunities. It is noteworthy that similar geographic range expansions did not lead to rate shifts elsewhere in the history of Terebinthaceae [e.g., the clade Bursera (Burseraceae) or the clade Anacardioideae 2 (Anacardiaceae)]. Although sampling bias may influence the inference of diversification dynamics, the fast and recent radiation of the Neotropical Protieae (Fine et al., 2014) deeply altered the steady the accumulation of lineages in the history of Terebinthaceae from the Cretaceous to the present. Increased sampling in other species-rich clades such as Bursera could inform whether more rate shifts have shaped the evolutionary history of Terebinthaceae.
GEOGRAPHIC RANGE EVOLUTION: HAVE LINEAGES PERSISTED IN UNIQUE GEOGRAPHIC REGIONS OR HAVE THEY DISPERSED TO NEW GEOGRAPHIC REGIONS (I.E., HOW COMMON IS DISPERSAL)?
Long-distance dispersal features prominently in the biogeographic history of Terebinthaceae. Although dispersal rates estimated with Lagrange may not be precise (Ree and Smith, 2008) , our results suggest that dispersal rates for both Anacardiaceae and Burseraceae are relatively high and similar (D Anacardiaceae = 0.15, D Burseraceae = 0.22). While frequency of long-distance dispersal in plants is not necessarily correlated to dispersal syndrome (Higgins et al., 2003) , seeds of the majority of Burseraceae and Anacardiaceae taxa are dispersed by animals (esp. birds, bats, terrestrial mammals; Daly et al., 2011; Pell et al., 2011) . Some members of both families are wind-dispersed and a few Anacardiaceae species are water dispersed. A closer examination of Terebinthaceae evolution reveals cases in which repeated short-distance dispersals or extreme long-distance dispersal must be invoked. In Burseraceae, within Garugeae, separation of Southeast Asian and African taxa occurs (Boswellia, Garuga; 52 Ma, 33-68 Ma) along with a separation of a New Caledonian endemic taxon, Canarium oleiferum, from the remaining pantropical Garugeae clade (46 Ma, . In Anacardiaceae, sister lineages from South America and subSaharan Africa diverge (Anacardium, Fegimanra; 48 Ma, 47-51 Ma), African and Oceanian taxa split (Blepharocarya, rest of Anacardioideae '2 Ma, 30-56 Ma), Madagascan and African taxa diverge (Faguetia, Trichoscypha; 41 Ma, , and South and North American lineages diverge (Anacardioideae 1, 2; 47 Ma, 39-57 Ma). The similar timing of these biogeographic expansions suggests relatively rapid dispersal among continents followed by radiation within continental regions but does not indicate shared routes. For instance, Fine et al. (2014) posits that the predominantly South American Protieae derived from an ancestor that dispersed across the Atlantic Ocean from North America or Africa, whereas Weeks and Simpson (2007) suggest the ancestor of Paleotropical Commiphora migrated from the Americas to the Old World across the North Atlantic boreotropical land-bridge.
Closer examination of the biogeographical reconstructions of these two families reveal repeated instances of lineage divergences associated with two different regions and/or continents. These splits occurred throughout the past 100 million years, including some very recent events. While some of these divergences may have been due to vicariance, we believe the great majority of them have been due to long-distance dispersal events. Recent reviews of the biogeographic history tropical woody plant lineages have emphasized the importance of long-distance dispersal (Lavin et al., 2004; Pennington and Dick, 2004; Renner, 2004) . Our results support this view, and we conclude that both Anacardiaceae and Burseraceae have moved easily across oceans.
CLIMATIC NICHE EVOLUTION: HAVE LINEAGES RETAINED DISTINCT CLIMATIC NICHES OR HAVE THEY EVOLVED CLIMATIC TOLERANCES (I.E., HOW COMMON IS "NICHE EXPANSION")?
Burseraceae are characterized by a low degree of climatic niche evolution. There are no frost-tolerant species, i.e., all Burseraceae are restricted to tropical and subtropical latitudes. Although Burseraceae are common and even dominant elements in seasonally-dry tropical forests and xeric scrublands as well as moist/wet rain forests across the tropics, switches between wet and dry climates are relatively rare in the family (Figure 7) . For example, Commiphora and Bursera, which dominate some seasonally-dry regions of sub-Saharan Africa and Mesoamerica respectively, share a common ancestor that almost certainly was a dry forest specialist. Both dry-forest and wet-forest lineages are ancient in Burseraceae, and both climatic niches have included Burseraceae taxa since before the Paleocene.
Unlike Burseraceae, transitions among climatic niches are extremely common in Anacardiaceae. Our estimate of the overall rate of dispersal/expansion for Anacardiaceae is at least twice the rate in Burseraceae (D Anacardiaceae = 0.14, D Burseraceae = 0.05). In the Lagrange analysis (Figure 6) , the most recent common ancestor of all Anacardiaceae and all deep nodes within the family are hypothesized to be wet forest taxa until the first expansion into dry climates during the Paleocene and then many more during the Eocene. Colonization of the temperate zone occurred early in Anacardiaceae evolution, likely during the Eocene. There have been at least 74 climate transitions (expansions and specializations) across all climatic niches examined here. Interestingly, although transitions between wet and dry climates are very common in Anacardiaceae, expansion into the temperate climate appears to have occurred in only one clade (although may have been lost and re-evolved in the same clade several times). This clade includes a broad selection of genera primarily in the Americas with a scattering of taxa from Europe, Asia, and the Pacific. Clades within this lineage in which frost tolerance has evolved are Cotinus, Pistacia, Rhus s.s., Schinus, and Toxicodendron. Within this clade, there have been multiple transitions among temperate and wet and dry tropical climates.
It is clear that climatic niche evolution is not integral to explaining the high species diversity of Burseraceae, as close relatives almost always occur in the same climatic niche. However, for Anacardiaceae, it is tempting to make a connection between climatic niche evolution and diversification. For several clades, sister species (or sister clades) share the same geographic region but inhabit different climatic niches, suggesting that specialization to dry or wet (or temperate vs. tropical) could arise after a widespread taxon lived in more than one climate. Tradeoffs involved in drought or frost tolerance are likely involved in such specialization. For example, Pittermann et al. (2012) showed that adaptation to dry biomes by Cupressaceae trees involves cavitation resistant xylem which results in reduced photosynthetic rates causing low growth rates which presumably prevents dry-adapted lineages from competing successfully in wet biomes.
Wind dispersal occurs in both families but to a greater degree of frequency and complexity in Anacardiaceae. Burseraceae have five wind-dispersed genera (Aucoumea, Ambilobea, Beiselia, Boswellia and Triomma; ca. 24 species) in all of which wings are obtained via conplanation of the pyrene, whereas Anacardiaceae have 23 genera, including ca. 75 species, in which a wide variety of mechanisms have evolved to facilitate wind dispersal. These include, for example, wings developed from petals, sepals, pericarp, subtending bracts, and whole inflorescences. Wind dispersal is more common in tropical dry forests than in tropical wet forests (Gentry, 1982 (Gentry, , 1991 , and thus perhaps affords an evolutionary advantage in this habitat. Fruit structure in Anacardiaceae may be more plastic than in Burseraceae, suggested by the fruit diversity in the family and the multiple times wind dispersal has evolved through the modification of different structures. Anacardiaceae, after being dispersed to a dry habitat, may have evolved more advantageous wind dispersed fruits quickly in situ, or they may have evolved wind-dispersed fruits in wet habitats then dispersed to dry habitats. Physiological responses to environment may also play a role in the ability of Anacardiaceae to change habitats. In some wet to dry switching lineages, like Astronium, the moist forest species occur in areas that often have a briefly drier period during which the species may lose their leaves. Ancestors of these lineages may have also had periodic deciduousness, possibly pre-adapting them to more seasonal forests with longer, more extreme dry periods. Other Anacardiaceae lineages include examples of morphological plasticity with respect to leaf morphology. For example in the genera Loxopterygium and Astronium leaves of most wet-habitat taxa are mostly entire margined, while leaves of most dry-habitat taxa have toothed margins.
In contrast to Anacardiaceae, it appears that the great majority of diversification occurs within climatic niches for Burseraceae. There are many mechanisms that could yield this pattern. First, if a lineage has frequent dispersal to the same climatic niche in different geographic regions, allopatric speciation could occur, and then re-dispersal back to the original region could inflate sympatric species totals. Second, habitat specialization to other habitats within climatic niches or niche partitioning along other niche axes within habitats can increase the numbers of species of a lineage within a climatic niche. For example, edaphic specialization to different soil types has been implicated in the diversification of the Protieae (Fine et al., 2005 (Fine et al., , 2014 . Finally, escape from natural enemies through effective chemical defenses may promote species radiations within biomes (Ehrlich and Raven, 1964) . Becerra (2007) showed that the terpene defenses of Bursera were more divergent than expected by co-occurring species within regions, and she suggested that coevolutionary interactions between Burseraceae-feeding beetles promoted chemical divergence and speciation in this group. Other Burseraceae lineages such as the Protieae have also been shown to express a wide diversity of terpenes and other nonvolatile antiherbivore defenses Fine et al., 2006 Fine et al., , 2014 Zapata and Fine, 2013 .
CONCLUSION
We found that a densely sampled, comprehensive geographic sample of Anacardiaceae and Burseraceae taxa has yielded a highly supported phylogenetic reconstruction that supports current taxonomic concepts of both families. Moreover, our fossil-calibrated chronogram and biogeographic analyses give results that are broadly congruent with the fossil record. We conclude that the most common ancestor to these families was widespread and likely originated in Northern Hemisphere during the Cretaceous. Continental vicariance between hemispheres may have spurred initial divergence into Burseraceae and Anacardiaceae and indeed the two families followed different evolutionary trajectories since their split, with Anacardiaceae steadily accumulating lineages since the late Cretaceous-Paleocene while the majority of Burseraceae's diversification has occurred much more recently, with Miocene radiations of the Protieae and Bursereae. Both families have relied on effective wind and animal dispersal to achieve pantropical distributions with multiple intercontinental colonization events inferred for both families throughout the past 100 million years. Anacardiaceae have shifted climatic niches frequently during this time, including colonization of the temperate biomes, while Burseraceae have experienced very few shifts between tropical dry and tropical wet climates, with no temperate zone adaptation. Thus, in the context of the question of whether is it easier for these plant lineages to move or to evolve, we conclude that both Anacardiaceae and Burseraceae move easily, but Anacardiaceae have a much greater capacity to adapt to new climate regimes than Burseraceae and this is one of the most striking features of their evolutionary history.
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